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OCOBJINBOCTI OPFAHEJIbHOIO PO3MISHABAHHSA, BESUKYJIIPHOIO
TPAHCIMOPTY TA ®1310J10IN4HA POJIb POCJIMHHUX BAKYOJ1b

Hasedeno ocroeni munu 6akyonb poOCAUHHUX KAIMUH ma
ix xapakmepucmuku. Pozeasnymo ixuwo 0y008y, (yHKuyii
ma poav y niOmpumanti KAimunHo2o eomeocmasy. Onuca-
HO MoOdeai ma 0coOAu80CMI 8e3UKYAIPHORO MPAHCNOPMY |
adpecayii do pi3HUX munie 6akyonb. 3anponoHOBAHO NO-
danvui nepcneKmueti HanPAMKU 00CAIONCeHb YUX KAIMUH-
HUX opeaHen.

Karouosi caosa: eHympiwHbOKAIMUHHUL MpPaHcnopm, opea-
HeabHe PO3ni3HABaHHs, OIAK06I 8aKyoni, AIMUYHI 6aKYOI.

Betyn. Bakyosti pocIMHHMX KJIITUH € YHIKaIbHUMM Op-
raHejaMH, 110 BiJIPi3HSIOTHCS CBOEIO MOTi(DYHKIIIOHATb-
HicTio. BOHM € TOJIOBHUM IKepesioM KJIITUMHHOTO Typ-
ropy i pesepByapoMm sl 30epiraHHsI Ta HAKOMWYEHHS
MOXMBHUX PeYOBUH. BakyoJii pocIMHHUX KJIITUH BiAIo-
BialOTh 3a IMIATPUMKY FOMEOCTa3y Pi3HOMAHITHUX CHO-
JIVK 'y LIATO30J1i — MiHEpaJbHUX CITOJYK, IIYKpiB, Oopra-
HIYHUX KMCJIOT Ta BTOpUHHUX MeTabouritiB [1—3]. Jeski
creliali3oBaHi TUMY KJIITUH, a caMe KJIITUHU TTPOAUXiB,
MEMOHCTPYIOTh IIBUAKI 3MiHU PO3Mipy KIITMHU 3a pa-
XYHOK 3MEHIIIeHHsI 00’ eMy Bakyosli Iux KJIiTuH. LBua-
Ki 3MiHM 00’eMy BakyoJib 320€3MeuyloTh TaKi BaXJIMBi
MpoliecH, sIK TpaHCITipallisl Ta AMXaHHS, 110 € HeoOXia-
HOIO YMOBOIO /IS BUSKWBAHHST POCJIMH.

LlenTpanbHa Bakyosb (LIB), 1110 mpucytHst Maiixe B
yCiX THMITaX TKAaHWH BETE€TAaTMBHUX OPTaHiB POCIHWH, €
TOJIOBHUM THUIIOM BaKyoJib POCIMHHUX KJIiTUH. L[B mMo-
xe 3aiimat 10 90 % 06’eMy KIIITUHM Ta BifIoBimae 3a
reHepalilo Ta MmaTpuMyBaHHsSI Typropy. Okpim Toro, B
[IB HakonmuuyroTbcsl TIPOMYKTU Jerpafallii [UTOTUIa3MU
KJITUHU Ta MICTAThCS TiApoiTuuHi depmentu [1, 2].
3aBOgKN TakuM BiaacTuBocTaM LB 1me yacro HasmBa-
[OTh JITAYHUMU a00 BereTaTuBHUMHU (puc. 1).
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I3 momanpiiMM PO3BUTKOM CY4YaCHUX METOMIB MiK-
pocKorii, MOJIeKyJISIpHOI 0ioJorii Ta 6ioximii Oy10 BcTa-
HOBJIEHO, 10 KJIiTUHU POCIMH MOXYTh MaTU AEKiIbKa
TUIIIB BaKyoJib. Take (pyHKIIiOHAJbHE Pi3HOMAHITTS Ba-
KyoJlb € crielu(piYHUM i 3aJ1eXXUTh Bill TUIY TKAaHUHU.

Tak, KITUHU penpoayKTUBHUX OpPraHiB Ta HACiHHS
pOCIMH 30arayeHi Ha iHILW TUIT BaKyoJib, 1110 OTpUMAaIA
Ha3By OinkoBi Bakyoidi (BB) (puc. 1) [4—13]. Bonu ma-
IOTh HEBEJIMKi pO3Mipd i BiAMOBigaloTh 3a 30epiraHHs
Pi3HOMAHITHUX OWUIKiB Ta iHIIMX BaXKJIMBUX IOXWBHUX
peuoBuH. bB € 30arayeHuMu Ha 3amacHi OLIKM Ta Oil-
KW 3axMCTy, 110 HaA3BUYAHO BaXKJIMBO I MPOPOC-
TaHHSI HaCiHHSI Ta PaHHLOIO PO3BUTKY IpopocTKiB. Ili
BaKyoJli TaKOX 3YCTpiyaloTbCsd B KJIITUHAX BereTaTUB-
HUX OpraHiB, aje ix poJib le He ITOBHICTIO 3’SICOBaHA.
IpuryckKaeThbes, 1110 32 YMOBU BIUIMBY Ha POCIMHM Jesi-
KMX abiOTUYHHUX CTPECiB, HAIPMKJIAI MOCYXM Ta XOJO-
oy, caMe bB KiIiTMH BereTaTMBHMUX TKAaHWH HAKOIIMYY-
I0Th 3amacHi Oinku [5, 14]. IlokasaHo, 110 BaKyoll
000X THUIIIB MOXYTbh CITiBiCHYBaTHM B OIHIii KJIiTHHI [6,
14—16]. Orxe, LIB Bimpisusethcs Bim BB 3a cBoe€rio
MopdoJiori€lo, bioXiMiyHUM cKIaaoM Ta yHKissMu. He-
1IOJABHO BCTAaHOBJIEHO, 1[0 Pi3Hi TUMM BaKyoJb Ta-
KOX BiIpi3HSIOTHCS HAOOPOM BOAOPO3YMHHUX Ta TOHO-
IUIACTHUX OiIKiB. 30KpeMa HesiKi MpeACcTaBHUKU aKBa-
nopuHiB ponuHu TIP (tonoplast intrinsic protein) Ta
KamieBux KaHaiiB pomuHu TPK (Two Pore K* channels)
MaloTh Pi3Hy BaKyoJISIpHY JIoKaizauito [4—6, 11—13].

Lleit ornsim mpUCBSIYEHUI aHali3y pe3yJbTaTiB Cy-
YaCHUX OOCJiIKeHb OyI0BM, MEeXaHi3MiB TPaHCIIOPTY Ta
}i3ios0TiYHOI pOJIi Pi3HUX TUITIB POCIMHHUX BaKyoOJb.

Bynosa ta dyHKuii BakyoJb pi3HMX THmiB. ICHYBaHHS
Benukux 1IB y KIIiTMHI € BaXJIMBOIO Ta HEOOXiTHOIO
YMOBOIO NI POCTY POCJIMH Ta PO3TITYBaHHS KIIiTHH.
Take 306i/bllIIeHHS KJIITMHHOTO 00’€MY 3a paXyHOK pO3-
TATYBaHHS OTIOMAra€e poCJIMHi ONTUMI3yBaTH MOBEPXHIO

71



[ | C.B. Icacnkos [ |

MiTtoxoHpis

XJ10poIIacT

amMma-TIP

OsTPKb

Puc. 1. lNnoretnuHa cxeMa pOCIMHHOI KJIITMHM Ta TOJIOBHI TUMIM BakKyoJib: 1IB (LieHTpasbHa BaKyoJib) Ma€ KUCIE
pH, BuKOHYye (yHKIIiT pe3epByapa [ MPOAYKTIB Oi0XiMiUHOI Aerpanallii Ta po3naay, MiCTUTb KMCIi TIpoTeas3u Ta
BUKOHYE (byHKIIiIO JIi3UCy, BiAIIOBiga€e 3a 30epiraHHs BaXJIMBUX MiHEpaJIbHUX CIOJYK, KOPUCHUX PEUYOBUH Ta BOAU
i € TOJIOBHMM MiclieM reHepallii Typropy B KiitTuHi; bB (6inkoBa Bakyosi) mae HelitpaabHuii pH, BimmoBimae 3a
30epiraHHs OLIKIB Ta iHIIMX MOXMBHUX PEYOBUH, HE MiCTUTh aKTUBHUX IIpOTea3, MOXe MAaTU JOAATKOBI BHYTPIIIIHi
KOMITApTMEHTH — KpUcTanoinu (0iku) i rmodoiny (KOMIUIEKCHU COJeit)

MOTJIMHAHHSI COHSYHOIO CBiTJIa B IIpolieci (DOTOCUMHTE-
3y. lIB pociuH € exBiBaJleHTaMH JIi30COM TBapMHHUX
KIITAH Ta BaKyoJb APLXKIXKIB. SIK BXe 3a3Hayaynocs,
1IB — ocHoBHUIT pe3epByap IJisd HAKOIMYEHHsS Ta 30e-
piraHHs i0HIB, MiHepaJIbHUX CIIOJYK i BOOM, BTOPUHHUX
MeTabomiTIB i mmirMeHTiB [2, 17, 18]. 30epiraHHsS KCEHO-
0ioTMYHMX Ta TOKCMYHUX crionyk y 1B momomarae 3meH-
IIUTA IX HEraTUBHUI BIUIMB Ha OiOXiMiuHI mpolecu,
SKi BimOyBaloOTbCs y LUTOIUIa3Mi. MeTabouliT, 110 BH-
KOPHMCTOBYIOTBCS POCIMHAMU TSI CBOTO 3aXMCTY Bif Ta-
TOTeHIB Ta WIKITHMKIB, TakKoxX 30epiraiotbcst y LB i
BUBUIBHSIOTHCS i3 HUX Y BiINOBiOb HA MEXaHiuHi ITOIII-
KOKEHHSI KJIITUHM YM TKAHWMHM a00 aTaky IIKiTHHUKIB.
CTBOpeHHS 3amaciB NoXuBHUX pedoBuH y LIB momoma-
ra€ pocjaMHaM MEPEXUTH Mepioau OeilluTy BaXKIMBUX
JUTSL KUTTS POCIMHU €JIEMEHTIB Ta BOAM 3a PaxyHOK
Mo0inizallii pecypciB Bakyosb [19—21]. Came Tomy siKic-
HUIA Ta KibKicHMiA BMicT LB mocCTiiiHO 3MiHIOETBCSI
BIIMOBIZHO OO CTamii PO3BUTKY POCAMHU Ta (aKTOpiB
HaBKOJIMIIHBOrO cepemoBuiia [22, 23]. LIB € Takox ro-
JIOBHUM Ta HAWOUIBIIMM AEIO POCIMHHOI KIITUHU IJIS
30epiraHHs ioHiB Kanblito. OTxe 1B BigirparoTh Baxim-
BY pOJIb Y CUTHAJIBHMX ITpoliecax B KiituHi [18]. LIB ma-
10Th Kuciuii pH, 110 cgrae mo3Hauku 4—35, ajne y AesIKIX
BUITIAIIKaX MOXKe 3HIDKYBAaTUCh OO ABOX Y LIUTPycoBUX [23].
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Huseke pH BakyossipHOro COKy 3HA4HO IIOJIETIIYE IIPO-
LecH Ierpafallii pi3HOMAaHITHUX CIIOJYK 3aBISIKM HasiB-
HOCTI pi3HOMAaHITHUX TiApoJia3, 110 € aHaJIoraMM Tidpo-
JITUIHUX (EePMEHTIB J1i30COM TBApMHHUX KIITUH [24,
25]. Tonomnact LB BulMX pocinH, BaKyoab I'pubiB Ta
JIi30COM KIIITUH TBAapUH MICTUTh OyxXe momioui H*-
AT®a3u, 110 6epyTh aKTUBHY y4acTh Y 3aKMUCJIEHHI Ba-
KYOJISIDHOTO COKY. YHIKaJbHUMM IJIS TOHOILIACTY POC-
JIMHHUX Bakyosab € H*-mipodocdaTasu, 1m0 Takox mMo-
KyTb OpaTH y4acTb y CTBOpeHHi Kucjaoro pH BakyoJsip-
HOTO COKY Ta, MOXIIMBO, Y TpaHCIOpPTi Kaiito [26, 27].
Tonomact IB Mictuth cneum@ivyHmii 111 HUX TaMMa-
TIP-akBaropus [6, 28—30]. LlikaBuM € TakOX Toil (aKT,
mo dyHkuioHyBaHHs ramma-TIP-akBamopuny Bumarae
kuciaoro pH (puc. 1) [31].

HemonaBHo OyB Binkputuii nomiOHuii 1o 1IB inmmmit
MiITUN BaKyoJb, 1110 OTPMMaB Ha3BY «BaKyoJli, acolliiio-
BaHi i3 mpouecamu cTtapiHHs» (SAVs, senescence-asso-
ciated vacuoles) [32, 33]. SAV-BakyoJi MiCTSTh CIIEILIM-
¢iuny SAG12 uucrein mpoteasy (senescence-associated
gene 12). Okpim Toro, pH coky 1ux Bakyosb Ha BiIMiHy
Bin «knacumuHux» 1B € xucmimmm. LB crneundivnmiz
c-TIP-akBanmopuH € BiACYTHIM y ToHomiacTi SAV-Ba-
Kyoub. BBaxaeTbcs, 1m0 SAV-Bakyosi i3 BUCOKOIO IIPO-
TEOJIITUIHOIO aKTUBHICTIO YTBOPIOIOTHCS de novo y Kili-
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(ITMHOBOI KMCIOTH

AneiipaiHoBa
nporeasa

Kpucranu okcanaty ta

Matpukc

7S-rno6yninu, daszeosninm,
(iroremarmoTUHIHY,

iHII BOMOPO3YMHHI TIPOTETHN

3aracy, aMiHOKUCIIOTH

Kpucranoin

3eiH Ta iHuI MpoTeiHu
3arnacy, MeMOpaHHi
MPOTETHU, JIITiaN

A Jlinaza

Oneocomu

Puc. 2. Oco6nuBocti 6ynoBu bB (6inkoBoi Bakyosii). Matpukc ta kpuctanoin bB € ronoBHumMu pesepByapamu st
30epiraHHs pi3HUX TUTIIB OiIKiB. KpucTanoiau MicTsaTh 3amacHi 011K, MeMOpaHHi OiIKM Ta BEJIMKY KiJIbKICTb JIITiTiB.
Marpuxkc 31e0i1bI1I0TO MiCTUTh BOJOPO3UYMHHI 3aracHi OiIKM Ta aMiHOKUCIOTU. [J100011M CK1anarThes i3 KpUCTasiB
okcanary Ta (hiTHHOBOI KMCJIOTH Ta € TOJIOBHUMU pe3epByapaMu 30epiraHHsI MiHepaJibHUX crioiyK. KoMmapTtmeHTu
IJIOOOIMIB TAaKOX MICTSITh ajielipaiHOBY TipoTea3y. ToHoriact BB orouenuii oneocomamu (Tpuriiliepuaamu) Ta

BiZlirpa€e BaXXJIMBY poJib y 30epiraHHi JimimiB

TUHaX JIMCTKIB, IO CTapilOTh, Ta MICTSTh arperatu ae-
rpazioBaHOTO MaTepialy KOMMOHEHTIB KimituHu [33, 34].
[Mpunyckaetbest, 1o SAV-Bakyosni nopsia i3 LB MoxyTh
OpaTy aKTUBHY y4yacTb y IIpollecax 3amporpamMoBaHOIl
KJiTMHHOI 3arubeni [34, 35].

Cnin 3a3Ha4YMTH, 1110 OLTKM HACIHHSI POCIMH € TO-
JIOBHMM JDKEpeJIoM XapuyyBaHHS s jioacTa [36, 37].
TpuBanuit TepMiH POCIMHU MOXYTb 30epiraTm aMiHO-
Kucyioty y (opmi crienmdiyHmx 3anacHux OUIKiB. Bennka
KiJIbKICTh 3armacHUX OiUJIKIB HAaKOMUYYETHCS B HACiHHI,
KOpEeHi Ta iHIIMX BEereTaTUBHUX OpraHax, 30Kpema KO-
peHeruiogax Ta uMOyauHax. PocivHu n1s1 3axucTy 3a-
MacHUX OiJIKIB Bifl HEKOHTPOJIbOBAHOI TE€peayacHoi e~
rpagauii B KJIiTMHI BUKOPMCTOBYIOTH JEKiJibka Mexa-
Hi3MiB. OIHUM i3 TOJIOBHUX MEXaHi3MiB 3aXHCTy 3arac-
HUX OIJIKiB Bim po3mnamy, ik MM BXe 3a3Hadyaiu, € 30e-
piraHHs y OiTKOBMX BaKyoOJsIX, TOMY paHille 1ii KTiTUHHI
opraHeynu iHomi HazuBaiu OinkoBumu Tinamu (PB, pro-
tein bodies) [38, 39]. V cBiit yac icHyBasa mymka, 1110
BB yrBOprototeest 1msixom ¢parmenraitii [IB B mporieci
CHHTE3y 3armacHMX OUIKiB Ta ix HakommueHHs [40]. Ane
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151 Mojesb ToxomkeHHss BB He moria mosicHUTH, SIK
3aracHi OiIKM, 1110 30epiraloThCsl Y BaKyoJIsIX 1IbOTO THITY,
OylyTb YHMKATH Ail KUCIUX TIpoTea3, XapaKTepHUX IS
LIB. Tonmanewi gocnimkenHs bB i3 aneiipoHoBoro 1a-
Py 3€pHIBOK SIUMEHIO TTOKa3aJlu, 1110 JJIsSi BaKyOJb I[bOTO
TUMY MpUTaMaHHi HelTpasbHUit pH (6ausbko 7), Ha-
SIBHICTb acIlapTaT IIpOoTea3d i XiTMHA3W Ta BiICYTHICTh
tunoBoi nporeasu LIB — aneiipainy (aleurain) [41—45].

Ha Binminy Bin Tonornacty LB, mo mictuth y cobi
ramma-TIP-akBanopuH, ToHomiact bB mictute y cobi
anbda-TIP ta nenpra-TIP-akBanmopunm (puc. 11 2) [6—
8]. o Toro X HellogaBHO 3’sCOBaHO, 1110 BaKyOJSIPHi
kanieBi kaHanu poauHu TPK (Two Pore K* channel)
TaKOX MalOTh Pi3HY BaKyoJIsIpHY creuiatizaiito. Tak,
OsTPKa i3 pucy nokanizyerbcs y ToHoruiacti LB, a
OsTPKb — y mem6pani bB [12, 13].

Cnin e pa3 migkpecaut, 1o bB € nyxe cknanHu-
MU Ta yHiKaJbHUMU opraHejsaMu. binbiricte BB kiituH
HaCiHHS MICTSITh y coOi OJHE UM AEKiJIbKa BiAMIHHUX
OJIMH BiJl OTHOTO CIIelliali30oBaHuX YTBOpeHb. BB MOXyTh
CKJIA[IATUCS i3 MAaTPUKCY, KpUCTaJIoiny Ta mioboiny (puc. 1
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i2)[11, 38, 39]. ¥ mMarpukci MicTATbCSI OiLTBIIICTh BO-
MOPO3YMHHUX OisKiB. CTpyKTypa Ta CKJIaJ KPUCTAJIOIniB
3aJIAIIAIOTHCS 1€ He 30BCiM 3’sicoBaHMMU. Bimomo, 1o
KPUCTAJIOIAN MICTITh 3amacHi OiIku, MeMOpaHHi OiLTKu
Ta BeJUKY KiJbKicTh JimigiB [10]. Marpukc Ta Kpucra-
JIOI € TOJIOBHUMU pe3epByapamu Jijist 30epiraHHsl pisHUX
TUIB OiNKiB. BB HaciHHS 6000BUX HE Ma€ KpUCTAJIOINiB
[38, 39]. [1pu ekcripecii y TpaHCTEeHHOMY HACiHHI TIOTIO-
Hy 3amacHUX OilKiB 0000BMX, a came (pa3eoanHy i (ito-
reManIioTUHIHY, i OUTKM HaKOMUYYBAJIUCh Y MaTPUKCI
BB [46—49]. Ha BimMmiHy Bim ocraHHiX 3¢iH 6000BHX
BXe HakKoIuuyBaBcs y Kpuctanoinax BB HaciHHS TiO-
TioHy [47]. KpiM TOro, NMpUCyTHICTh TPbOX Pi3HUX TUIIIB
MeMOpanHux OinkiB (Re-F-B-anbsdpa, DIP (dark-indu-
ced protein) Ta RMR (receptor-membrane-ring H?2
protein)) y kpuctanoini BB Bkasye Ha Te, 1o mimigHi
MeMOpaHU € HEeBilI’EMHOI YAaCTUMHOW 1Ii€l CTPYKTypu
[8]. IMoxomkeHHsT KpUCTaOimiB Ta iX (PyHKIIl Bce 1iie
3aJIMIIAEThCS Hed sicoBaHuM [8, 50].

['moboinn ckiagaloTbesl i3 KPUCTAJiB OKcaylaTy Ta
ditunoBoi kucnoru [40, 41, 46, 51]. Kpim Toro, octaHHi
JOCJTI/IKEHHS 32 TOTIOMOTOI0 €JIEKTPOHHOI KOH(MOKaAIb-
HOI MiKpOCKOTIii Ta 0i0oXiMiYHOTO aHali3y i30JbOBaHUX
r10060i1iB BKa3ye Ha Te, 1110 I1i YTBOPEHHSI OTOYEHI BO-
1apoBolo JiminHoo meMOpanoio [31]. LlikaBum dak-
TOM € Te, 110 MeMOpaHU TIJI000imiB MICTATh Yy COOi
cneuudivni st UB H-nipodocdarasu (V-PPase) ta
ramMa-TIP-akBarmopunm [31]. I'moGoimy Takoxk MiCTSTh
crietudiuny mist LB aneiipainoBy mnpoteasy [31]. Lli
BHYTpilIHI yTBOpeHHs1 bB HakomuuytoTh iHTerpaabHuit
MapKepHUl MpPOTeiH, 110 € crelupiyHUM IS TpaHC-
noprtHoro uwisixy Bim Fombmki mo LB [51]. [lo Toro x
moboiny BB kiituH apabimoricucy MiCTSITh Ha CBOIl
MmeMmOpaHni crietudiunmii pist LB TpaHcrnoprep metany
NRAMP4 [51]. Otxe, rmoboinu bB 3a cBoiMu o3Haka-
mu € nonionumu no LB (puc. 1 i 2) [52]. OnHuwMm i3
MosiCHEHb (heHOMEHY iCHYBaHHSI BaKyoJii OJIHOTO THUITY
BCEpEeAMHI iHIIOI BaKyoJi € Te, 110 IJI1000iIuM MOXYTb
3’SIBJISITUCS B HUX Y pe3ysbrari noriauHaHHs L[B BB-
BaKyoJIsSIMU 3a JOIMOMOIoi0 aBTodarii. 3aBOsSKy iMyHO-
LUTOXiMIYHOMY aHaJji3y HaciHHsS apabimoricucy i3 3ac-
TOCYBaHHSIM aHTUTIN MpoTu anbda-TIP Ta ramma-TIP-
akBanopuHiB, H"-nmipodocdarasu Ta TpaHcnoprepa me-
tariB NRAMP4 minrBepmkeHO rimore3y mpo Te, IO
MeMOpaHHi CTpYKTypu IJ1000i1iB moxoasats Bim LB [51].
I'no6oinn BB mictunu y cobi xapaktepHi misg LB ramma-
TIP-axkBanopun, H*-mipodocdarazu Ta TpaHCIOpPTEp
metajiiB NRAMP4. Lli yrBopeHHSI 3HUKAJIU TIiCJIsT CTpa-
tidikallii HaciHHS Ta 3aMilllaJiucsl Ha HOBOYTBOPEHI
JIITUYHI BaKyoJIi, 110 MicTuiau ramma-T1P-akBamnopuH ta
H*-mipodocdarasu, aje He ManM TpaHCIIOpPTEpa METAiB
NRAMP4. Otxe, icHyBaHHSI B KJIiTHMHI TaKOi CKJIamgHOL
Ta YHIKQJIbHOI MYJIbTUBE3UKYJIIPHOI opraHenu, sik bB,
00yMOBIIEHEe CTBOPEHHSIM ONTUMAJIbHUX YMOB JUIS 30e-
piraHHsl 3amacHMX OWIKiB pi3HOI MpPUPOAM Ta Iapa-
JIGJIBHOTO 3aMyCKy 30BCiM pi3HUX Ta BiIMiHHMX OIWH
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Bilm ogHOro OiOXiMiYHHMX IIPOLECIB, 110 € HEOOXiTHUMU
JUISL IPOPOCTAHHSI UM iHIIMX BaXJIMBUX (hi3ionaoriuHuX
dynkuiit (puc. 11 2) [8].

Crnig 3a3HayuTH, 110 BB poCIMHHMX KIIITUH TaKoX
He MamTh aHAJIOTIiB B KJIITWMHAX CCaBIiB Ta JIPiXIXKiB.
bionoriuna pons BB BuBuYeHa Iie He mOCTaTHHO. 3me-
Oinblioro naetanbHi pociipkeHHss BB mpoBomgwiuca B
KJIITUHAX HaciHHS. baraTo muTaHb CTOCOBHO (DYHKILii
bB zanumaiorscs Bimkputumu. HeBimoMoro 3anuiiae-
Thesl (pizioioriyHa posib BaKyoJib IIbOTO THUITY B iHIINX
TUIAX KIITUH (KJIITMHU KOPeHIo, Me30(ily Ta iHIIUX
TKaHWH). Maiike 30BciM He 3’sicoBaHa (yHkiisi BB
LOTO TUITY Y 3aXMCTi pOCINH Ta aBTO(Arii.

KpiMm Toro, citin 3a3Ha4MTH, 1110 HUHI 3aJMIIAETHCS HE
3’SICOBAaHUM, 10 SIKOTO THIY BaKyoJib BapTO BiIHOCUTH
BaKyOJISIPHI CTPYKTYPH, 110 MIiCTSATh TiUIbKU aeiabTa-TIP
Ha CBOiil MeMmOpaHi. ICHyIOTh poOOTH, 11O TMOKa3yITh
Jokajizaliio geiabTa-TIP-akBamopuHy y HeBEIMKMX Ba-
KyOJIsIX KJITUH JucTtoBoi napeHximu [5]. Henvra-TIP-
BaKyoJi (DOPMYIOTbCS B KIIITMHAX POCIMH 32 YMOB Me-
XaHIYHUX YIIKOKeHb TKAHUH UM 3MiH Y PO3BUTKY POC-
JINHU, 1110 HETaTUBHO BIUIMBAIOTh HA HAKOTIMUEHHS BYT-
JIeII0 Ta a30Ty y KIiTMHAaX JIMCTOBOI IapeHximu [5].
BiosoriuHa dyHKILiS 1IbOrO MiATUMY BaKyoJb 3aiullia-
€TbCa He 3’sicoBaHoio [5, 53]. LlinkoMm iMOBipHO, IO
BakyoJii i3 nenbTa-TIP-akBamoprHOM y TOHOILIACTI €
OKpPEMUM THUIIOM POCIMHHUMX BaKyOJib Ta 3aCIyTOBYIOTH
Ha Tojajbllie AeTalbHe BUBYCHHS.

TpaHcnopT OLIKIB Ta MeXaHi3MH #0r0 BAKYOJBHOTO PO3-
mi3HABaHHA. Y POCIMHHUX KIIITMHAX, SIK i Yy KIiTUHAX
CCaBILiB Ta APIXKIXKiB, TPAHCHOPT HOBOCUMHTE30BAHUX BO-
JMIOPO3YMHHUX Ta OiBIIOCTI MEMOpaHHUX OiKiB 70 Ba-
KYOJIb PO3MOYMHAETHCS Yy €HAOMIa3MAaTUYHOMY PETUKY-
aymi (EP). Bomopo3unHHi OiIKM 3a3HAIOTh MOAATBIINAX
MonM@ikalliii riaikaHaMu y KomIapTMeHTax [onbmxi i
Hazajli TpaHCIIOPTYIOThCS Y Bakyodi [3, 54].

binku, 1mo TpaHCIOPTYIOTHCS IO BaKyoJb, MAalOTh
CUTHaJIbHI TMOCJiIOBHOCTI BaKyOJSIPHOTO PO3Ii3HaBaH-
Hs (VSS, vacuolar sorting signals) [55, 56]. 3aBnsku Ta-
KMM CMTHAJbHUM IIOCJIiZOBHOCTSIM BiZOYBA€THCS aape-
calisi TpaHCTOPTY LUX OiNKIB y BiAMOBIAHI KJIITUHHI
cTpykrypu [2, 3, 12, 13]. 3ae6iaploro BaKyoJsspHi 0ii-
KM CUHTE3YIOTbCSl Y BUIVISIAI OiIbIIMX 32 pO3MipOM MO-
nepeaHuKiB pa3oM i3 N- un C-TepmiHal nporenTuaamMmu
[3]. «do3piBaHHSI» LIMX IPOIENTUIIB BinOyBa€eTbCs 3a
paxyHOK 3MEHIIIEHHSI PO3Mipy IILJISIXOM BUPi3aHHS TIEB-
HUX JUISIHOK Ta MOJaJblioi cekpellii. BcraHoBieHo, 1110
npueaHaHHsa Takux N- yu C-TepMiHaia BaKyoOJSIPHUX
OPONENTUAIB A0 iHIIMX OUIKIB IMPU3BOAMIO IO HAKO-
MUYEHHSI OCTaHHIX y Bakyoussix [3, 54, 57]. Otxe, came
y N- yn C-tepMiHa MpoIenTuaax BakyoJsspHUX OLJIKiB
MicTaThes HeoOxinHi VSS-curHanu [3].

BigmosigHo 10 Micus po3rairyBaHHS VSS-curHamis
B OUIKY IIi CUTHaJIM MNOAUISIIOTh HAa TPU PI3HUX TUIIHU:
N-, BHyTpilHii ta C-xineup [59]. Hanpukinan, criopa-
MiH Ta aneiipaiH MaioTb VSS-curHamu Ha N-TepMi-
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HaJabHOMY KiHLi mporentuny [2, 58]. JlektuH, dazeo-
JIiH, XiTUHa3a, 2S aabOyMiH MICTSITh CUTHAJIbHI MOCIi-
noBHOCTI y C-TepMiHaJIbHOMY KiHIIi, (hiTOreMaritoT-
HiH Ta JerymMiH maioTh VSS-curHaiv BcepeauHi Moti-
MeNnTUIHOI MOCIiT0BHOCTI [2, 58].

Vnepuie VSS-curHanu Ha N-TepMiHaJIbHOMY KiHITi
OyJiu omMcaHi I aneipainy i3 SYMEHIO Ta IS CriopaMi-
Hy i3 Gatary [59, 60]. VSS-curHanm mux OiIKiB MiCTSATb
aMiHOKUCJIOTHUI crielniyHUi «ITianuce» i3 acrmaparii-
npoJtin-izoneiuH-aprininy (NPIR) [59, 60]. 3amina
aMmiHOKMCIIOT Y NPIR-«mignuci» VSS-curnany 3a pomno-
MOTOI0 CalT-crienM(iyHOro MyrareHesy MpOIEMOHCTPY-
BajJla KJIIOYOBY POJb i30JICMLIMHY Y TPaHCIIOPTi OiNKiB
1o Bakyousib [59, 60]. Crrenmdiuni mocmimoBHocTi VSS-
curHaiiB N-TepMiHaJIbHOTO KiHIISl OUIKiB HE BTpavyaroTh
CBOIO (PYHKIIIOHAJIbHICTh HAaBIiTh TOAi, KOJIW 1Ii MOCIHi-
JIOBHOCTi TTPUETHYIOTH 10 C-TepMiHaIbHOIO KiHIISI Map-
KepHux O0inkiB [3]. OTXe, TaKi CUTHAJIBHI ITOCTiZOBHOCTI
MOXYTb MICTUTUCS He Jiuie Ha N-TepMiHAIbHUX KiH-
151X, a i BCepeIMHI MenTUAHOTO JaHIory oiika [3]. Cxoxa
IO CUTHAJIbHOTO MOTHUBY ajieiipaiHy Ta criopamiHy VSS-
MOCJiIOBHICTh Oysia igeHTHUdiKoBaHa BCEpeIUHI Tier-
TUIHOTO JIAHIIOTY y TomnepeaHuka puuuHy [61]. Binku
i3 TakuM VSS-«1mianucom» 31e011b1I0T0 JOKaTi3yIOThCs
y LIB, mpote aneiipaiHoBa IipoTeasa TpaHCHOPTYETHCS
1o rno6oinie BB [6, 31].

VSS-nocninoBHocTi y C-TepMiHaIbHOMY KiHIII Ha Bifl-
MiHy Binm VSS-curHaniB y N-TepMiHaJIbHOMY KiHLI HE
MalOTh 3arajJibHOI KOHCEHCYCHOI ITocimoBHOCTI. Bcra-
HOBJIEHO, 1110 VSS-niocigoBHOCTI C-TepMiHAJIBHOTO KiH-
1151 BiIITOBiAAIOTh 3a KOPEKTHY BaKyOJISIpHY JIOKaJli3allito
JIEKTUHY i3 STUMEHIO Ta XiTMHa3M i3 ToTioHy [62, 63].
ExkcniepumeHTH i3 3aMiHOIO OJHUX aMiHOKUCJIOTHUX 3a-
JIMIIKIB Ha iHIII 3acBimumim, 1o TigpodoOHi aMiHO-
KUCJIOTHI 3JIMIIKU € JAyXe BaXJIMBUMU JJI KOPEKT-
HOI JIoKaJti3allii JJeKTHHY Ta xituHa3 [64, 65]. KoHceH-
CYyCHY MOCHiIOBHICTh mist C-TepMiHaIbHUX VSS-ToCTi-
JIOBHOCTE# BUSIBJIEHO [UIs1 2S anbOyMiHiB i3 Opa3uiibCh-
Kxoro ropixa (Bertholletia excelsa), 1110 MaoTb VSS-MOTHB
i3 NLPS-«minnucom». Lsg NLPS-nocainoBHICTb € KOH-
cepBaTUBHOIO JUIsl OUIKIB ponuHU anbOyMmiHiB. Llikaso,
o NLPS-nocnigoBHicTh 3HalineHa y N-TepMiHaIbHUX
KiHLISIX IeIKUX criopaMiHiB [3]. 3UTTS penopTepHUX Yu
PEeKOMOIHAHTHUX OLKiB i3 KOpoTKUM C-TepMiHaTbHUM
VSS-curnanom (AFVY) i3 (a3seoniHy cIpsiMOBYE TpaHC-
MOPT LIMX CITOJYK 10 Marpukcy bB [66, 67].

IMopanewi nocnimxkeHuss VSS-nocaigosHocreit C-
TEpMiHaJIiB BaKyOJSIPHUX MENTUAIB BUSIBWUIIM, 1110 37€-
OLIBIIOro TaKi MENTUAX MAlOTh JOBIUM OiYHUII JAHITIOT
y TepMiHAJIbHUX JiITHKAX Ta HEraTUBHUI 3apsii B Oll-
HOMY i3 IOJIOKEeHb CUTHAJIbHUX AUISTHOK [3]. 31me0inbino-
ro 6inku i3 C-tepMmiHaibHOXO VSS-TIOCIiIOBHICTIO Ha-
kormuytothest y BB [3, 63, 65]. Onmnak xiTmHaza i3
TIOTIOHY, 110 TaKOX Ma€e C-tepMiHanbHy VSS-IOCTiI0B-
HicTb, HakonuuyeTbesd y LIB. Takum ymHOM, iCHYBaH-
Hs1 cieundivHux VSS-curHatiB Ha pi3HUX KiHIISIX TIOJTi-
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MOEINTHUIIB CBITYUTD PO iCHYBAaHHS B POCIMHHIN KIIITUHI
JEKIIbKOX HE3aJIeXXKHUX MEXaHi3MiB pO3Mi3HABaHHS Ta
COPTYBaHHS BaKyoJISIpHUX OiIKiB i3 arapaty ['ofabmxi 10
POCIMHHUX BaKyoJb [63, 66].

BakyonsipHi Ginku pociauH i3 VSS-curHanamMmu Bce-
peauHi MONIMEeNTUAHOTO JAHIIOTY CUHTE3YIOThCsI 0e3
nopajgblioro BiawerniaeHHss VSS-curhanis Ha C- uu
N-TepMmiHanTbHUX KiHUSX. JleTanbHi JOCTIIKEHHS Kili-
TUHHOIO TPAaHCHOPTY (piTOreMarIlOTUHIHIB Ta JIeryMi-
HiB, 1110 TpaHCTIOPTYIOThest y BB, manu MoximBicTh ineH-
TudikyBaTu VSS-curHajabHi ITOCHiZOBHOCTI BCepeaUHi
TMOJIIMTENTUIHMX JIAHLIIOTIB «3pinx» OikiB [68, 69]. Ta-
kuii Tun VSS-curHajiiB OyB 3HAWOEHUN I AEKiTbKOX
0iJIKiB i3 HaciHHs. JlocuTh yacTo Taki OiIKM 3a3HarTh
moaudikariii B armapati [ojibxKi, 1110 poOUTh iX OLIBLI
rinpocoOHMMU Ta JoMoMara€e iXHiil momajbliliii arpera-
it y xomruiekeu [3]. JIocMTh 4acTo TakKuii MeXaHi3M
arperaiii OiIKiB po3MISIHAlOTh SIK aJdbTePHATUBHUI Me-
XaHi3M COpPTYBaHHS OiJIKiB y BaKyoJli, 10 HE 3aJIEXKUTh
Bin crieniudiuHMX BaKyoJsSIpHUX peuenTtopis [32].

3acTocyBaHHS Pi3HUX (DAPMAKOJIOTIYHUX CITOJIYK ISt
MOCHTIIKEHHST TPAHCTIOPTY OUIKIB Y BaKyoJIi MpOTOILIaC-
TiB TIOTIOHY IT0KAa3aji0, 110 BOAOPO3YMHHI BaKyOJSIPHi
Ta TOHOIJIACTHI OUJIKM TPAaHCHOPTYIOThCS Y 1li OpraHesu
3a JIOTIOMOIOIO 30BCIM pPIi3HMX TPAHCIIOPTHUX IIUISIXiB
[70]. Tpancnopt GiNKiB TOHOIUIACTY JI€TaIbHO BMBUYABCS
st akBanopuHiB poaunu TIP [8, 71, 72]. Pizni TIP-
aKBaIlOPMHU 3aj1y4yaloTh Pi3HiI TPaHCHOPTHI MeXaHi3MU
JIOCTaBKM JIO BiANMOBiAHMX TUMIB Bakyonb [8]. TIP-
aKBaIlOPUHM € TpaHCMeMOpaHHMMM OiKaMu, IO Ma-
I0Th WIiICTh TpaHCMEMOpPaAaHHUX TOMEHIB Ta PO3TalloBa-
Hi y uurorazmi C- i N-tepmiHanbHi KiHui [2]. o6
JIOKaJli3yBaT penopTepHuil 0igok y ToHoruiacTi BB,
nocTatHbo TipueaHatu C-TepMiHaIbHUIT TpaHCMeMOpaH-
Huil KiHeupb anbda-TIP-akBanmopuny (AtTIP3;1) |8,
73]. Mopaneuii gocnimkeHHs Tpancnopty TIP akBamno-
PUHIB y MPOTOIIACTAaX TIOTIOHY 3a IOITOMOTOIO CTBOPEH-
HS XMMEPHMX OiIKiB, 3JIUTHUX i3 peloOpTepHUM OiIKOM,
rnokasaju, 1110 HarpsMOK TPAHCIIOPTY MOXHa 3MiHUTH
3a IOTTOMOTOIO 3aCTOCYBaHHS CUTHAILHUX TTOCTiTOBHOCTEM
TIP-akBanopuHiB.

I[HmMM mikaBuM OiKOM, IIIO 3aCIyTOBYE Ha yBary,
€ BP-80. Leit 6imok i3 monexkynsspHow Macor 80 k]I
ineHTMdiKoBaHMI 3 Ji3aty KiaTpuHOBMX Be3ukya1 (CCV,
clathrine coated vesicles) [73]. BP-80 € tpancmemMGpaH-
HUM OiJKOM, 110 JIOKaJli3yeTbesl B amapati [onbmxki Ta
manux MemopanHux PVC-kommaprmentax (PVC, pre-
vacuolar compartment) [1]. BcraHoBieHo, 1110 TpaHC-
MeMOpaHHUMI JOMEH Bogopo3unHHOoro oinka BP-80 Bin-
MOoBiZa€e 3a TpaHCHOPT OijKa yepe3 amapar ['oJabaxi 1o
Mannx memopaHHux PVC-kommaptMeHTiB [74].

JlocmimKkeHHS TTOKa3yIoTh, 110 TPaHCMEMOpaHHUIA 10-
MmeH ta C-tepminan BP-80 Bimmosimae 3a peTpaHcioka-
mito 6inka i3 PVC-Be3ukyn no LIB um rmo6oimy BB [50].
3muttst C-TepmiHanbHOro KiHist ramma-TIP i3 TpaHc-
MeMOpaHHuM gomeHoM BP-80 He BmiuBajao Ha xapak-
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Tep Ta HaNpPsSMOK TPaHCIIOPTY XUMEpHOro Oinka [74].
Ha Binminy Big ramma-TIP-akBanmopuHy mnpu 3JUTTi
TpaHcMeMOpaHHoro goMmeHy BP-80 i3 C-tepmiHasibHUM
KiHueM aiabda-TIP Ta penoprepHuM OiTKOM ILiei XU-
MEpHUIi1 OUJIOK HaKomu4yBaBcsl y Kpuctanoigax bB Ha-
CiHHS TpaHc(OpMOBaHOro TIOTIOHY [50], mpoTe 3IUTTS
C-tepmiHanibHoro KiHig anbda-TIP i3 TpaHcMeMOpaH-
HuM momeHoM BP-80 mpmsBommio mo Ge3rocepeaHboro
TpaHcnopTty xumepHoro Oiika i3 EP y BB i 6e3 3amyuyeH-
Ha amapaty [onbmxki [73]. 3aBASIKM TIPOBEIEHHIO TaKUX
LiKaBUX €KCIIEPMMEHTIB BCTAHOBJIEHO iCHYBAaHHS ABOX
BiIIMIHHMX OIWH Bill OMHOTO TPAHCHOPTHUX IUISIXiB IO
BbB. 3’acoBano, mo ramma-TIP Tpancmopryerscsa y LIB
i3 kucauM pH 3a 710MoOMOroro KJaTpMHOBUX BE3UKYJ Ta
arapary [onpmxi. Anbda-TIP na Bigminy ramma-TIP-
aKBaIlOPMHIB J0CTaBIsIETbCs 10 BB 6e3 mormomoru ama-
paty lonbmxi [73].

Iloganpuri gocIimKeHHs TPaHCIIOPTY OLIKIB 10 BaKy-
OJIb TIOKAa3ajiv, 110 TPAHCIIOPTHI LUISIXW BOJAOPO3UYMHHUX
OiNIKiB Ta MeMOpaHHUX OiJKiB MalOTh Pi3HY YYTJIUBICTh
IO BIUIMBY iHTi0iTOpiB BHYTPIiIlIHLOKJIITMHHOIO TPaHC-
nopty (MoHOMe3uH Ta opedenauH A) [74]. Hanpukian,
TpaHCHOPT (iToreMarIlOTUHIHY, (a3eosiHy Ta ramma-
TIP-akBanopuHy € 4ymIMBUM A0 1ii OpedennuHy A Ta
Oe3rmocepeIHbO 3aJIeKUTh Bil (DYHKIIIOHYBaHHS araparTy
Tonpmxi [53, 75]. TpancriopT anbda-TIP-akBarnopuHy
Ha BiIMiHY Bing TpaHcropty aseosiHy, ramma-TIP-ak-
BallOpMHY Ta iHIIMX OUIKIiB € HEYyTIMBUM 10 Ail Ope-
dennuHy A Ta He 3ajexuTb Bin amapary [oabmxi [53,
75]. 3acTtocyBaHH: iHTiOITOPIB TpaHCIOpTy OiKiB i3 EP
o anapaty ['olbIXi y eKcnepuMeHTax i3 TOCIiIKEHHIM
OiJIKOBOTO TPAHCTIOPTY 1€ pa3 3aCBiTUMIIO iICHYBaHHS Y
POCIVMHHUX KJIITUH IBOX Pi3HUX LUISIXiB TPAHCTIOPTY Oif-
KiB 10 BaKyoJsib. TakuM 4uMHOM, TpaHcIopT OiikiB 10 BB
MOXe BifiOyBaTUCS JBOMa IUISIXaMU: 3a JOMOMOTOIO
anapaty ['oiibKi Ta 6€3 3alydyeHHs 1€l OpraHesu.

HemonaBHo Oyno mokas3aHo, 1110 KaJli€Bi KaHAIKU TO-
Horuiacty i3 pucy poaunu TPK nokanizyroTbest y pis-
HUX TUTax Bakyosib [12, 13]. 3a momomororo moCIiaiB
i3 xumepHumMu riopugamu uux aBox TPK 06inkiB BcTa-
HOBJICHO TPU KJIIOUOBUX aMiHOKMCJIIOTHUX 3aJIMILIKUA Yy
C-TepMiHaJIbHOMY KiHIIi, 110 BiAIIOBiZalOTh 3a BaKyo-
JIIpHE po3Mmi3HaBaHHs. Bimbln Toro, mociimu i3 3acTocy-
BaHHSIM OpedesinHy A BKa3ylOTh Ha MOMIOHUN 10 ajib-
¢a-TIP mexanizm tpancrnopty OsTPKb y BB [12, 13].

BaxxiuBy posib y BHYTPIllTHBOKJIITUHHOMY TPaHCITOP-
Ti OiNKiB 4O BiAIOBIIHMX TUIIIB BaKyoJib BilirparmoTh pe-
LIeNTOpU BakyoJsipHoro posnizHaBaHHs (VSR, vacuolar
sorting receptors). Lli peuenTtopu CIpsIMOBYIOTH TpaHC-
MOPT BiAINOBIAHUX OiIKIB Y Bakyosi. OOQHUM i3 Tepimx
VSR-peuenTopis, 1o 0yB ineHTudikoBanuii, € BP-80
i3 ropoxy [73]. IcnyBana rinmoresa, 1o NPIR VSS-morus
N-TepMiHaJIBHOTO KiHIIS CIIOpaMiHy Ta ajeiipaiHy Moxke
posmizHaBaTucs TinmoreTnyHuM VSR-penentopom. B exc-
nepuMeHTax i3 3B’ss3yBaHHsIM BP-80 i aneiipaiHy BcTa-
HOBJIEHO crietidiunicTh 10 VSS-nocnigoBHOCTEH Ta 3a-
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nexdicte Bim pH [3]. Takum ymHOM OyJI0 IOKa3aHO,
mo BP-80 € perientopoM BakyoJSIpHOTO PO3Mi3HABaHHS
(VSR). Hexkinbka peuernropis, romosioriunux 10 BP-80,
ineHTU(¢iKOBaHi Ta KJIOHOBaHi y BOAOPOCTEil, MOXiB Ta
nanoporeit. VSR-perientopu Takoxx 06epyTh ydacTb y po3-
Mi3HaBaHHI Ta TPAHCIIOPTI AESIKMX 3aIllaCHUX OiIKiB, sSIKi
He MatoTh VSS-nocninoBHocteit [3]. Pociuuu apabimomn-
CHCY MaIOTh CiM I'eHiB, 1110 KomyioTb VSR-penentopu [3].
Y Bunorpany (Vitis vinifera L.) Ha BinmiHy Bin apabinomn-
CUCY € JIMIIIe TPU TeHU, 1110 KoaytioTh VSR-perientopu.

OpnuMm i3 mepumx VSR-pelenrtopiB i3 apabimormn-
cucy OyB ineHTtudikoBaHuii AtELP (A. thaliana epi-
dermal growth factor-like protein) [76], sikuii Ma€ BuCO-
KMl ctymiHb romojorii i3 BP-80 Ta nokanmizyerbcst y
knaTpuHoBux Besukynax (CCV, clathrin-coated vesic-
les), mpeBaKyoJISIpHUX KOMITapTMeHTax Ta anaparti ['onba-
xi [76—78]. VSR-penentopy € BUCOKOHCEPBATUBHUMM
OiKaMu, 110 MalOTh MOAIOHY KJIITMHHY JIOKaJi3allilo Ta
MOXYTb MaTHU Pi3HY TKaHMHHY crienudiyHicts [2]. Ha-
npukian, AtVSRI Bianosigae 3a po3nofin BakyoJsip-
HuUX OiNKiB y HaciHHi, a AtVSR3 jokanizyerbcst y mpo-
mmnxax [79, 80].

3a momoMoroio aHaiizy romosorii VSR-gomeHiB i3
JIOMEHaMU Pi3HOMaHITHMX MpoTea3 ineHTUdiKoBaHa iH-
ma poagrHa VSR-peuenTopis. Lli Oi1KM oTpuMany Ha3By
RMR (Receptor-membrane-Ring H2 protein) [81]. Bi-
JIOMO, 1110 apabiIoNCUC MICTUTD IIICTh Pi3HUX TE€HIB, 1110
KonyoTb RMR-06inku, a reHOM pucy — TUJIbKM JBa Ie-
Hu RMR [3]. Bcranosneno, mo RMR-6inku i3 apabi-
IOIICUCY 3IaTHi 3B’s13yBaTUCh i3 VSS-mocainoBHOCTIMU
xiTuHa3u TOTIOHY [82]. I'oMoinorn RMR-6inkiB B Kili-
TUHAX CCaBliB € yacTuHOW yOikBuTuH E3 nirasm [83].
biosoriyHa pojib 1IMX ABOX TUIIIB PELIENTOPIB BaKyo-
JISPHOTO PO3ITi3HABAHHS 11I¢ HEMTOBHICTIO 3’sicoBaHa. [1pu-
MYCKa€EThCs, 110 OUIKM 000X ponuH VSR-pelienTopiB Mo-
KYTh B3aEMOJIISITU MixX cOOO0I0 B Mpoliecax BHYTPIllIHbO-
KJTITUHHOTO TPaHCITOPTY, OPTraHeJIbHOTO PO3ITi3HABaHHS
Ta BigoOopy.

MexaHi3MH BE3WKYJSIPHOTO TPAHCHOPTY 0 BAKYOJIb.
Tpancnopt 6araTbox MakpoMoJieKya (OiIKM, HYKJIEiHO-
Bi KHCJIOTH, TIOJlicaxapuau, JIiMOINpoTeinu) B KIITHHI
3MiACHIOETHCS 32 TOMOMOTIOIO MOCIiIOBHOTO YTBOPEHHS
Ta 3JIUTTSI OTOUYEHUX MEMOpaHOIO IyXUPLIB (BE3UKYI).
TpaHCITOPT CMOJYK 3a TOTOMOTOI0 BE3WKYJ Ma€ HU3-
Ky IepeBar y IMOPiBHSIHHI 3 iHIIMMM TUIIAMU KJIITUH-
HOTO TPAHCIOPTY — MONIMHEHi a00 CEKPETYIOThCSI MAaKpO-
MOJIEKYJIM, 10 3HAXOOAThbCsl B OyabOallKax, 3a3BUYait
HE 3MIlIYIOThCS 3 iHIIMMU MakKpoMoJieKylaMu abo op-
raHejaMy KITUHU. BynpOamiky MoOXyTh 31MBaTUCS 3i
cneuniyHUMU MeMOpaHaMu, 110 i 3abe3nedyye OOMiH
MaKpOMOJIEKYJIaM1 MiX Pi3HOMaHITHUMU KOMIIapTMEH-
TaMU KJITUHU. BHYTPIIIHBOKIITUHHUN BE3UKYJISIPHUI
TpaHCHOPT Bilirpae BaXXJIMBYy poJib y OioreHesi Ta (yHK-
LIOHYBaHHi POCIMHHUX BaKyOJb.

IcHye Benuka HM3KA AOCIHIIIKEHb, 110 CBITUUTH MPO
y4acTb y BE3UKYJSIPHOMY TPAHCIOPTi Pi3HUX TUIIB MO-
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Amnapat

g Tonbmxi

Puc. 3. Monesnb BHYTPillIHBOKJIITUHHOTO TPAHCTIOPTY OUJIKIiB IO Pi3HUX TUIIIB BaKyoJib. TpaHcnopT OiJIKiB 10 BaKyoJib
BiOyBa€eThcs 3a yuyacti anapary ['onbmxi un 6e3 3aydeHHs 1€l opradenu. TpaHcnopt 6iikiB g0 LIB (1ieHTpasbHUX
BaKyo0JIb) BiIOYBA€THCS BUKJIIOUHO 32 I0NMOoMoroto anapaty ['onbaxki Ta kiarpruHoBux Be3ukys (CCV). Y nonanbiiomy
KJIaTPUHOBI BE3UKYJW 3JIMBAIOThCA i3 MpeBakyossipHumu KommaptmeHTtamu (PVC), ski y nogaiblioMmy MOXYTb
anuBatvcd i3 LUB abo mynpTuBe3uMKyasapHUMUM TilaMu. MynbTuBe3uky/sipHi Tina (MVB, multivesicular body)
3a0e3reuyoTh TpaHcrnopt OikiB 10 LIB Ta BB (0inkoBMX Bakyojb). AKTMBHY Y4acTh y TpaHcHopTi OinkiB i3 EP
oecriocepeiHbo y BB 6e3 3aiyueHHs esieMeHTiB anaparty [onbaki 6epyTh miaaeHbKi 3a ¢opmoto DV (dense vesicles),
DIP (dark-induced tonoplast intrinsic protein vesicles) Ta PAC-Be3sukynu (precursor-accumulating vesicles). ¥V
OaraTboxX BUMAJIKax KiHIIEBOIO JIAHKOIO TpaHCTHopTy OiuIkiB g0 BB € mpeBakyosisipHi KoMmapTMeHTH 30epiraHHs
(sPVC, storage prevacuolar compartments), 1o 0e3ImocepeIHbO 3IMBAIOThCS i3 MemOpaHoro BbB. 3a momomororo
komriuiekcy ESCRT (endosomal sorting complex required for transport) nmpeBakyossipHi KOMITApTMEHTH YTBOPIOIOTh
BIT’SIYyBaHHS IJITHOK CBOEI MeMOpaHu BcepennHy Ta ¢opmytoTb MVB-Tiiblis, 1110 3a6€31euyoTh TpaHCIIOPT OiIKiB

no 1IB ta BB

KpUBHUX OinKiB obonmoHku Besukyn (COP, coat pro-
teins). Pi3HOMaHITHI TMIIM KJIIITMHHUX BE3UKYJ, a caMe
knatpuHoBi Besukynu (CCV, clathrin-coated vesicles),
COPI- ta COPII-Be3ukynu, «iiiyibHi» Be3ukyau (DV,
dense vesicles) Oynu omucaHi 111 POCIMHHUX KIITUH
[2, 83—85]. UucneHHi eKcriepruMeHTaIbHI IaHi CBigyaTh
Mpo iCHYBaHHS 3HAYHOI roMoJiorii Mixx neskumu COP-
OiJikaMu KJIITUH POCJWH, CCaBLiB Ta APIKIXKIB, MpOTE
30BCiM Majio BiJIOMO TIPO ME€XaHi3MHU Ta MOJIEKYJSIPHY
TIPUPOAY BE3UKYJISIPHOTO TPAHCIIOPTY Y pociuH [85].
Huni icnye nymka, 1o OilblIicTh OifKiB BaKyosb
TPAHCTIOPTYIOThCS i3 amapary [oJbmaxi 3a JOMOMOTOIO
CCV-Be3ukyn. Ha miznix eramax tpancrnopty CCV-Be-
3UKYJIW 3JIMBaIOThCSl i3 PI3HOMAHITHUMHU TUIIAMU TIpe-
BakyoJisipHux KomrmaptMmeHTiB (PVC, prevacuolar com-
partments) Ta TiepeAalOTb OCTAHHIM CBili BHYTpIlIHil
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Bmict [3, 83]. PVC-koMnapTMeHTH MOXYTb Oe3noce-
pPEeNHBO 3IMBATUCH i3 CrielMdIYHUM I HUX TUIIOM Ba-
Kyosb (puc. 3) [3]. Pazom 3 TuM 3a 10MOMOTOI0 KOMII-
sekcy 60inkiB ESCRT (endosomal sorting complex requi-
red for transport) PVC-koMmnapTMeHTH Ta iHIIi T Be-
3UKYJl MOXYTh 3JIMBATUCSI PAa30M Ta YTBOPIOBATA MYJIbTU-
Be3uKyJsipHi Titelst (MVB, multivesicular body) (puc. 3)
[85]. YucnenHi niteparypHi JaHi cBimyaTh Mpo Te, IO
TPAHCTIOPT /IO Pi3HUX TUIIIB BaKyOJib 3a0€3IeUy€eThCs 3a
noroMorolo  PVC-KoMMapTMEHTIB  MyJIbTUBE3UKYJISIPHO-
ro tuny (MVB) [3, 84, 85]._

Pisnuug y nanpsmkax tpaHcnopty PVC-kommaprt-
MEHTIB JI0 Pi3HUX TUITIB BaKyoJib OOYMOBJIEHA 3aTy4eHHSIM
pisHoro Habopy SNARE-6inkiB (Soluble NSF Attachment
Protein Receptor) mis 3nutrs Besukyn (v-SNARE, ve-
sicle SNARE), a Takox 151 MeMOpaHHOTO Bri3HABaHHSI
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(t-SNARE, target SNARE) [86, 87]. HelogaBHO HOBUIA
tun PVC-KoMITapTMEHTIB 3HalAeHUIl Y KIIITUHAX PUCY,
apa6inoricucy ta TioTioHy (BY-2) [88]. PVC-kommnaprt-
MEHTU MaloTh ToAioHi 1o MVB-kommapTMmeHTIB po3-
MipM, ajie XapaKTepU3YEThCS BiJICYTHICTIO BHYTPIlIHIiX
Be3ukya [89]. lleit HOBMIT TUI MPEBaKyOJISIPHUX KOM-
MapTMEHTIB iIeHTU(dIKOBAHO 3aBASKM HAsSIBHOCTI y HUX
crietmdiynnx RMR-penentopis (receptor homology-trans-
membrane-ring H2) [89]. Taki Be3UKyJsApHi CTPYKTypH
OTpUMAaJIi Ha3By MPEeBaKyoJISIpHI KOMMAapTMEHTH 30epi-
ranHsa (sPVC, storage prevacuolar compartments). Exc-
NepUMEHTAJIbHI aHi CBilyaTh Ha KOPUCTb TOrO, IO
sPVC-Be3ukynu 6epyTh y4acThb y TPaHCIIOPTi OiNKiB 10
BB [3, 89]. PazoM 3 TUM «KJIacCW4YHi» MPeBaKyOJSIpHi
KoMnapTMeHTH BedukyisipHoro tumny (PVC/MVB) 3a-
Oe3mneuyroTh TpaHcnopT OinkiB 1o 1IB Ta bB. BB Ta 1IB
POCIMHHUX KJIITUH € (i3iosoriyHo Ta 0i0XiMiYHO pi3HU-
MU KJIITUHHUMM OpraHejaMu, 00 ix 00CIyrOBYIOTh Pi3Hi
3a TOXOKEHHSIM TpaHcnopTHi Besukynu [10]. TpaHc-
nopt OinkiB i3 amapary ['onpmxi 1o BB 3abe3neuyiorhb
He «KJaCUYHi» KJIAaTPMHOBI, a «IliJbHi» DV-Be3ukynu
niamerpom 130 um (DV, dense vesicles) [10, 89].

MexanizsMu TpaHCIIOPTY OiIKIB y BaKyoJi 3a IOMO-
MOTOIO eJIEMEHTIB anapaTy ['oJIbIKi B pOCIMHHUX KITITH-
Hax Maike He BiIpi3HSIOTHCS Bill BE3UKYISIPHUX TPaHC-
MOPTHUX WUISIXiB KJIITUH APiXIXKiB Ta ccaBuiB [3]. EP
POCJIIMHHUX KJIITMH Ha BiJIMiHY Bil KJIITMH CCaBLiB €
JKepeJIOM YTBOPEHHS Ta TeHepallili pi3HOMaHITHUX 3a
CBO€EIO (DYHKIIiEIO Ta CTpYKTyporo MemOpaHHux ERdvc-
kommaptMmeHTiB (ERdve, ER derived compartments), 1o
OepyTh yyacTh y TpaHCIOpPTi OiKiB 10 bB 6e3 3anmyuyeH-
Hs1 enemeHTiB amapaty [ombmki [90]. Takuit MexaHi3m
TpaHCMNOPTy OiNKiB, 110 € He3aleXHMM Bil amapary
Tonpmki, mpUTaMaHHUIA JIMIIE POCIMHHUM KIIITMHAM.
Opnieo i3 ronoBHux ¢yHkUii ERdvc-kommapTMmeHTiB
€ 30epiraHHsI Ta TPAHCHOPT 3alaCHUX PEYOBMH, a came
oinkiB Ta ninifis 1o bB. Kpim Toro, ERdvc-komnaprmeH-
TU HAKOIMUYIOTh AesKi crenudiyHi BUAM TpoTeas, 10
y TioiajiblioMy Haaxoas1th y bB i 6epyTh yuacts y rinpo-
JIi3i 3amacHUX OUIKiB B MpOLECi MPOPOCTaHHS HACiHHS
(puc. 3) [90, 91].

Tpancnopt no bB 3amacHux 6inKiB, mepeBakHO TJIO-
OiHiB Ta mpoJsiaMiHiB, BiAIOYBa€TbCS 3a Pi3HUMM Mexa-
Hizmamu. [7106iHM € BOMOPO3YMHHUMU 3allaCHUMHU Oiji-
KaMU 3apoJIKy, 1110 TPAHCIOPTYIOThCS 10 BaKyoJib i3 3a-
JiydeHHsIM KoMmrutekey [onbmxi. [TponaMiHy Ha BigMmiHy
BiI IJIOOIHIB € TimpodoOHMMM 3almacCHUMU OiIKaMU 3ep-
HiBoK 31akoBMX. Lli 6inku cuHTedyroThcsd EP Ta y mo-
nanapiiomy arperyioth y Oinkosi Tinbigg (ERAvPB, ER
derived protein bodies) [90]. TakuM 4yMHOM, IOCTaBKa
rinpodobHuX 3amacHuX OuIKiB 10 BB Moxe BinOyBatuch
3a paxyHok TpaHcropty ERdv-6inkoBux Tizeun ta 06e3
3aJIy4eHHsI eJleMeHTiB anapaty [obmxi.

Oxpim TpancroptHux ERdv-0inkoBux Tineusn, moc-
TaBKa OUIKIB Ta iHIIMX KOMITOHEHTIB 10 BB moxe Bia-
OyBarucs 3a paxyHOK iHIuX TumiB EP-kommaprMeHTiB.
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JlocmimkeHHsT TpaHCIOPTY 3allaCHUX OUIKIB B KJIITUHAX
HEe3piJoro HaciHHS rapOy3a 3acBiIuWiu, 1110 TPAHCHOPT
3almacHUX OiJIKiB, a caMme IJIOOYJIiHY, BimOyBa€Tbcs 3a
PaxXyHOK creuudivHuX Be3UKyJ, sIKi HAKOMUYYIOTh MO-
nepeaHUKiB 3anacHux OinkiB (PAC, precursor-accumu-
lating vesicles) [92]. ITi3Hillle BCTaHOB/IEHO, 1110 BOHU HE
MalOTh HiYOTO CIJIBHOTO i3 BE3UKYJISIPHUM TPAHCIIOPTOM
N0 BaKyoJib, 110 3aJIexXuTh Bia amapaty [onbmxi [92].
Coi 3a3HAYMTH, 11O JAEsIKi 3ar1acHi 61JIKM, a caMe II100iHu
Ta IMC-TIPOTEIHA3M, MOXYTh TPaHCIIOPTYBAaTUCST O€3110-
cepeaHbo i3 EP no BB 3a monomoroio PAC-Be3ukyn
(puc. 3) [92, 93]. Oxpim PAC-Be3uky, icHye 11ie oauH
LiKaBUM TUI MeMOpaHHUX YTBOPEHbD, 110 3a0€3IeUyIOTh
He3ajexHuid Bin anapaTy ['ofbaki TpaHCTIOPT OUIKIB 10
BB — ne DIP-Besukynu (DIP, dark-induced tonoplast
intrinsic protein vesicles) (puc. 3) [11, 31]. Leit Tun Be-
3UKYJ iNeHTUdIiKOBAaHUI 3aBASIKM HASIBHOCTI Y HbOMY
DIP-akBanopuny ta momioHoro mo peuentopa RMR-
6inka. ITomanpini gocmimkeHHs: @yHkuiin DIP-Be3ukyn
Yy KJITUHI BKa3ylOTh Ha Te€, 1110 BOHU € TOJIOBHUM MicC-
1IeM TpaHCHOPTYy eJeMeHTiB Kpucrtanoiny 1o bB [11].
ITpu 3nutti DIP-Be3ukyn i3 BB BinOyBaeTbesi mepena-
ya MeMOpaHHMX KOMIIOHEHTIB, 10 MicTaTh DIP-ak-
BaropuH, y BHyTpiliHi kommnaptmeHTu BB [14]. Llika-
BuM (akToM € Te, mo DIP-akBamopuH BimcyTHIill y
ToHoruiacti bB. Ilpore ekcrnepuMeHTalbHI AaHi CBiA-
yarh TMPO BiJICYTHICTb TUIOBUX JJISI MITUYHUX BaKyOJib
(LIB) annda- Ta ramma-TIP-akBanmopuHiB y MemOpaHax
DIP-Besukym [11].

MmoBipHo, dyHKieio DIP-Besuky:n € nocraskay BB
cneuudivaux 11 LB enemeHTiB, 30KkpemMa MeMOpaHHUX
OiIKiB Ta, MOXJIMBO, TiAPOJITUYHUX (DEPMEHTIB.

BinnoBigHO 10 maHMX OCTaHHIX HOCIIXEeHb 300pKa
eJleMeHTiB ToHoracty bB, kpucramoiny Ta rio6oimy
BinOyBa€eThCs 3a paXyHOK JOCTAaBKU MaTrepiajly Bill 30B-
CciM PI3HMX 3a CBOEIO MPUPOIOID MEMOpPAHHUX KOM-
naptMeHTiB [11]. Hampuxian, mocrtaBka Oaratbox ee-
MEHTIB KPUCTaJO0ilny BimOyBaeTbcsl 3aBHsIKM pyxy DIP-
BE3MKYJI, a BOJIOPO3UYMHHMX OifKiB 10 BB matpukcy —
3a gonomoroio DV-Besukyn [10, 11]. TpaHcropt Mate-
piany sl rjo0oimy BinOyBa€eTbcsl 3a paXyHOK poOOTH

CCV-Be3ukyn [50]. N

*

BinkpuTTa pi3HUX THUIIIB BaKyoJb JaJ0 MOXJIUBICTh
Kpalle 3po3yMiTh BCIO CKJIaIHICTh OpraHizailii Ta pyHK-
LIOHYBaHHSI POCIMHHOI KJIITUHM i POCIMHHOTO Opra-
Hi3My B LIJIOMYy, MPOTE€ HEBUPIIIEHWX IUTaHb 3aJU-
LIa€ThC 1Ie ayxke Oarato. HaBemeHi maHi cBimyaTh IIpo
Pi3HOMAHITTS LUISXiB Ta MeXaHi3MiB BaKyOJSPHOTO
TpaHcnopty. CIlin 3a3HAYUTH YHIKAJIBHICTD HE3aJIeXKHOTO
Bin amapaty [onbmxi nuisixy Tpancnopty OinkiB 10 bB
st pocnnH. Takuit MexaHi3M Mae 0arato MepcrieKTUB
Yy MaiiOyTHOMY MJIsI 3aCTOCYBaHHSI B OiOTEXHOJIOTii poc-
JIUH. 3aBOSIKU BiICYTHOCTI TIMKO3WJIIOBAHHSI CUHTE30-
BaHUX CIOJYK y KoMmIuiekci [onbaxi Taki criosyku goc-
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TaBJISIIOTHCS 1 HaKormmuyloThesl Yy I1b 6e3 icroTHux Ximiv-
HUX BUIO3MiH Ta BTpaTU CBOEI 0i0JOTiYHOI aKTMBHOCTI.
Tomy Bukopucranns I1b sk GiopeakTopiB mis Hako-
MMUYEeHHs Ta 30epiraHHs BaXKIMBUX OiOJOriYHMX Ta ap-
MaKOJIOTIYHUX PEYOBMH € TMEePCIEKTUBHUM HAIPSIMKOM
JIJISI TIOAAJIBLLIOrO PO3BUTKY Oi0TEXHOJIOTIi pociauH [67].
Tomy Ha mopsAOKY JEHHOMY CTOITh 3aBIAHHST HOCTiIUTU
0iOXiMiYHY Ta MOJICKYJISIDHY MPUPOAY MeXaHi3MiB 0io-
reHe3y, TPaHCIIOPTY Pi3HUX TUIIB BaKyoJb Ta IX IIO-
MnepeqHuKiB. 3 MeTowo imeHTU(iKallii HOBUX TEHIB Ta
iX IMpOOyKTiB, 110 OEpyTh y4yacTh y OioreHesi Ta (PyHK-
LIIOHYBaHHI BaKyoJIb POCIMHHOI KIITMHU, HEOOXimHO
LIMPOKE 3aCTOCYBAaHHS METOMIiB 3BOPOTHOI '€HETUKM Ta
reHomiku, 3okpema ctBopeHHs PHKi niHiit pocauH mo
BiIMOBIZHMX I'eHaX BaKyOJSIPHUX OiIKiB; CKPUHIHT KO-
JIEKIIi MyTaHTIiB, 110 MAaIOTh IOPYILIeHHs (PeHOTUITY Ba-
Kyonb. JocraimkeHnHs crneuiamizoBaHux 0i0miorek kJIHK
Ta iHIII AOCTIIXEHHS TPAHCKPUIITOMY POCIMHHOI KJIi-
TUHU JOMTOMOXYTh 3HAYHO PO3IIMPHUTH Hallli 3HAHHS
PO MPUPOAY MPOLECIB, 10 BiAOYBAIOTHCS y LIMX BaX-
JIUBUX KJTITUHHUX OpraHesax.

S.V. Isayenkov

Institute of Food Biotechnology and Genomics,
NAS of Ukraine, Kyiv

PLANT VACUOLES: PHYSIOLOGICAL ROLES
AND MECHANISMS OF VACOULAR SORTING
AND VESICULAR TRAFFICKING

In this review the main types of plant cell vacuoles were
described. The structure, functions and other important
characteristics were compared for the different vacuolar
types. Moreover, the working models of vacuolar sorting
and vesicular trafficking were outlined in this paper. The
new important directions for further research of plant
vacuoles were discussed.

C.B. Ucaenkos

OCOBEHHOCTH OPTAHEJIbBHOT'O
PACITO3HABAHMWSA, BESUKVYIIAAPHOI'O
TPAHCITIOPTA N ®U3NOJOTUYECKAA
POJIb PACTUTEJIbHBIX BAKYOJIEN

ITpuBeaeHBI OCHOBHBIE THUITbI BaKyOJIeil PACTUTEJIbHBIX
KJIETOK M OINMCaHbl UX OCHOBHbIC XapaKTepucTuku. Pac-
CMOTpEHBI OCOOEHHOCTH MX CTPOEHUSI, (DYHKIIMM U POJIb
B MOJJEPKAHUU KJIETOYHOTO romeoctada. OnucaHbl MO-
JIeJiM, a TakXke OCOOEHHOCTU BE3UKYJISIPHOTO TpaHC-
ropTa M ajpecaliuy K pa3HbIM TUIaM BakyoJieid. [Tpen-
JIOXKEHBI JaJIbHENIIINE TTepCIIeKTUBHbBIE HATTPaBJIECHUS UC-
CJIEIOBAHUI 3TUX KJIETOUHBIX OpraHesL.
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